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During later MOIS3, in Europe two populations were present, autochthonous Neanderthals and modern humans. Ecological
competition between these two populations has often been evoked but never demonstrated. Our aim is to establish whether
resource competition occurred. In this paper, in order to examine the possibility of ecological competition between these two
populations, 599 isotopic data were subjected to rigorous statistical treatment and analysis through mixing models. The aim of this
paper was to compare dietary strategies of Neanderthals andmodern humans over time. Our conclusions suggest that Neanderthals
and modern humans shared dietary habits in the particular environmental context of MOIS3 characterised in Europe by climatic
deterioration. In this environmental context, the resource competition between Neanderthals and modern humans may have
accelerated the disappearance of the Neanderthal population.
1. Introduction
The Neanderthals are a well-known middle Pleistocene pop-
ulation, which was autochthonous in Europe during MOIS
6, 5, and 4. The European Neanderthals are associated with
Mousterian assemblages.
During the later part of MOIS3, in the late Pleistocene,
Europe was also populated bymodern humans. The presence
in Europe of modern humans is inferred, according to some
authors, in the oldest Eastern European sites by association
with Protoaurignacian or Aurignacian assemblages [1] and,
for later periods of MOIS3, by association also with fossil
remains [2]. The dates available for the Protoaurignacian,
Aurignacian, and late Mousterian sites show that, after the
arrival of modern humans, there was a period of coexistence
between these two populations in Europe for at least 15,000
years [3]. This period is marked by an increase of Aurigna-
cian sites throughout Europe, the appearance of so-called
“transitional assemblage” sites (Chatelperronian, Uluzzian,
Szeletian, Lincombian, Ranisian, Jerzmanowician), and the
decline of Mousterian sites. After 25,000 years BP, the
Mousterian sites and the Neanderthal population completely
disappeared in Europe, and only modern humans survived
on this continent.
Despite numerous investigations, the debate concerning
whether Neanderthals became extinct because of climate
change or competition with Modern humans is still unre-
solved. Some researchers argue that competition alone
cannot be the cause of Neanderthal extinction [4–7]. By
contrast, other authors support the existence of competitive
exclusion for the same niche and argue that competition
played a major role in the demise of the Neanderthal
population. Some analyses, which are based onmathematical
modeling, lack plausibility because they are too theoretical
[8]; others, which are based on more integrative simulations
[9] or which take into account archeological and ethnologic
examples [10], are more convincing.
The modelling approach is used to understand complex
systems by working on a simplified model of these systems.
Thus, this process involves the choice of certain parameters
and variables which, if they are simplified, are nonetheless
controlled in such a way that they are capable of representing
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Figure 1: The 51 major archaeological sites providing isotopic data,
in red, archaeological sites with only human data, in blue with
human and faunal data and in green with only faunal data.
Table 1: Palaeolithic isotopic data available for modelling.
Sample Number of data References
Reindeer 201 [20, 31–37]
Horse 230 [17–20, 31, 33–44]
Bovid 88
[18–21, 31, 33–
37, 39, 41–43, 45–
47]
Neanderthal 19 [16, 18–21, 31, 35–
37, 42, 47–51]
Modern human 61 [16, 17, 22, 31, 33,
34, 46, 52–61]
the system as a whole. Therefore, the model used in this
paper does not attempt to determine the kind of food that
Neanderthals and modern humans consumed but to high-
light the potential diﬀerences in dietary habits characteristic
of these two populations.
The aim of this paper is to test the hypothesis that
resource competition, analysed through isotopic modelling,
was strong between Neanderthals and modern humans.
It assumes that if a model shows similar dietary patterns
for Neanderthals and modern humans, then these two
populations would be in competition for resources. By
contrast, if the models show diﬀerences in dietary patterns,
this would signify that resource competition would be less
intense.
For some years, isotopic biochemistry allowed us to
improve our knowledge about past human diet using carbon
and nitrogen isotopic ratios [11–15]. Since 1990’s these
methods have been increasingly used to study paleonto-
logical populations such as Neanderthals or early modern
humans, in order to understand their relationship with
the local environment (e.g., [11, 16–23]). Therefore, the
literature contains a substantial number of isotopic data,
mainly on carbon and nitrogen isotopic values measured on
bones and dental collagen. The previous studies suggested
Table 2: Palaeolithic isotopic data available for modelling dis-
tributed according to geographical cluster and environmental
cluster (each subcluster contains at least one hominid record).
Clusters Geography N Environment N
Sub-clusters
North-west
Europe
135 Tundra-steppe 50
South-west
Europe
447 Open boreal
woodland
99
Central 17
Tundra/boreal
woodland
84
Steppe 12
Cold steppe 151
Wooded steppe 47
Temperate forest 24
Warm (wooded)
steppe
36
Undefined 96
Total 599 599
that prehistoric peoples had a carnivorous diet similar to
that of contemporaneous predators, such as cave lions or
cave hyenas [19, 24]. These isotopic studies are consistent
with zooarchaeological investigations which showed that
Neanderthals and modern humans were big game hunters
(hunting mainly big ungulates) [25–30].
The isotopic modelling used in this paper presents a new
method of investigation that intends to contribute to the
debate on resource competition between Neanderthals and
modern humans which has often been assumed but never
really demonstrated.
2. Material and Methods
2.1. Compilation of the Database. Isotopic data from 51
major archaeological sites in Europe (Figure 1) were com-
piled from 42 publications. Of these archaeological sites, 14
were attributed to Neanderthal and 37 to modern human
settlements. In total, isotopic data from 945 specimens
(faunal and human) was assembled from the literature. This
paper focuses on the transition between MOIS3 and MOIS2;
as such, isotope data from species unavailable during these
time periods was eliminated from the data set. Furthermore,
the models employed in this paper rely exclusively on three
faunal types (reindeer, horse, and bovid) because these were
the only remains present at all sites. As a result, only isotope
data from 599 specimens were included in this analysis
(Table 1 and Tables SI1, SI2, SI3).
As Drucker has shown, local environmental context can
influence isotopic signatures of plants and consequently
those of consumers [31]. As a result, the first step of our
analysis was to verify isotopic modifications for each faunal
type through time and space [32]. Thus, in addition to
chronology (e.g., late MOIS3 versus MOIS2), data relating to
geography and environment were also considered (Table 2).
Environmental groupings were in agreement with Allen and
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Table 3: Isotopic data available for each chronological group considering (1) geographical cluster and (2) environmental cluster. The three
conditions retained for isotopic simulations are marked by grey cells.
Chronological groups
MOIS3 Neanderthals MOIS3 modern humans MOIS2 modern humans
Hominids Faunas Hominids Faunas Hominids Faunas
Geographical regions
North-west Europe × × × ×
South-west Europe × × × × × ×
Central × × × × ×
Environments
Tundra-steppe × × × ×
Open boreal woodland × × × ×
Tundra/boreal woodland × × × × × ×
Steppe × ×
Cold steppe × ×
Wooded steppe × × × ×
Temperate forest × ×
Warm (wooded) steppe × ×
Totality of the dataset × × × × × ×
Huntley in 2002 [62]. Radiocarbon dates were updated by
Jo¨ris and Street 2008 [3].
In order to study the transition between late MOIS3
and MOIS2, we created models by grouping faunal types
and humans species into three chronological groups: (1)
MOIS3 Neanderthals, (2) MOIS3 modern humans, (3)
MOIS2 modern humans. In this paper we used the term
“MOIS3” in order to nominate the coevolution period of
Neanderthals andmodern humans in Europe; thus “MOIS3”
here represents the later period ofMOIS3. These groups were
analysed in three diﬀerent ways: (1) an absence of cluster
(global), (2) a geographical cluster, (3) an environmental
cluster. Due to limitations related to the faunal isotopic data
available for each cluster and the fact that models have to be
run with the same characteristics for diachronic comparison,
models were limited to: (1) the whole dataset, (2) the
data of south-western area, (3) the data relating to cold
environments of tundra-steppe and open boreal woodland
(Table 3).
2.2. Isotopic Values. Patterns in human and animal food
consumption are reconstructed using carbon and nitrogen
isotope ratios in bone collagens. Since collagen is protein,
the stable isotope ratio of this tissue provides information
on the protein component of the diet over approximately
the last 10 years of an individual’s life [63, 64]. Because
plants and animals diﬀer in their carbon and nitrogen
isotope ratios it is possible to use their ratio to infer past
dietary patterns. Carbon isotope ratios are typically used
to diﬀerentiate between the consumption of C3 versus C4
plants or marine fish versus fresh water fish [11, 14, 63,
65, 66]. In contrast, nitrogen isotope ratios are indicative of
trophic level (i.e., an individual position in the foodweb) [65,
67]. Stable isotope ratios reflect the type of primary protein
sources and are successively enriched in the heavy isotope
(13C, 15N) with each step up the food web [65, 68]. Thus,
the relative isotopic variability between diﬀerent organisms
of a terrestrial and aquatic trophic web is distributed in
a predictive way from plants at the baseline of the food
chain through the subsequent levels as herbivorous and
carnivorous organisms. For example, the δ13C and δ15N
values of collagen from herbivores are approximately 5%
and 3–5% higher, respectively, than plants [20, 63]. In a
similar way, the δ13C and δ15N values of collagen from
carnivores are approximately 0.8–1.3% and 3–5% higher,
respectively, than herbivores [19]. According to isotopic data
available for the Palaeolithic terrestrial environments, δ13C
values of plants range from −35 to −20% with a distinction
between open and closed environments, and δ15N values of
plants ranged from 0 to 6%. The δ13C and δ15N values of
collagen from herbivores range from −30 to −18% and 3
to 8%, respectively. The δ13C and δ15N values of collagen
from carnivores range from −24 to −16% and 7 and 13%,
respectively. The δ13C and δ15N values of collagen from
freshwater fish range from −23 and −19% and 9 and 15%,
respectively.
2.3.Modelling Process. Following the predictive fractionation
of isotope ratios through the food chain, Phillips and
colleagues proposed diﬀerent isotopic mixing models to
quantify the relative contributions of the diﬀerent dietary
sources to an individual [69–71]. IsoError (2001) and Iso-
Conc (2002) based on the isotopic mixing models estimate
the proportions for two food sources using a single isotopic
element or three sources using two isotopic elements.
IsoError mixing model considers the isotopic signature
standard deviations in the source and mixture populations
and restitutes food proportions with confidence intervals
for source proportion estimates. In contrast, the IsoConc
mixing model is a concentration-weighted linear mixing
model which considers for each element the contribution of
source as proportional to the weight of the elemental concen-
tration in that source. The IsoSource mixing model (2005)
can estimate more than 3 sources using 2 stable isotopic
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elements when food sources are isotopically very diﬀerent.
The diﬀerent isotopic mixing models have previously been
applied in past foodwebs to assess the relative proportions of
diﬀerent sources to a single or population human mixtures
[33, 72–78].
Based on isotopic mixing model proposed by Phillips
et al., the final aim of the research was not to determine
the real contributions of specific food sources to a mixture
but to compare the human dietary patterns over time and
space within distinct chronological groups. Simulations were
run with IsoSource mixing models (version 1.3.1) [69, 79].
The use of mixing models to study European Palaeolithic
populations could be limited because the mixing models
were designed from datasets composed of living North
American animals. However, regardless of chronological
period and geographical context, the same principle of
isotopic fractionation along the trophic chain is generally
applicable to all isotopic studies. Furthermore, the mixing
models were applied to compare diﬀerent cohorts according
to diﬀerent parameters and not to precisely reconstruct
the proportions of diﬀerent resources consumed by past
human populations. As such, whatever limitations exist
will be similar in each group and should not aﬀect the
comparisons.
The use of models necessitates a variety of assumptions.
For example, in this study we assume that all the hominids
considered consumed the same kinds of resources. Following
the recommendation of Phillips et al. [69], only three food
sources were considered: fish, meat, and plant resources
because they are (i) largely distant from the mixture and
(ii) suﬃcient and reliable to consider the main food items
consumed in typical omnivorous diet. Due to the lack of
data, plants are not often considered in previous isotopic
studies whereas they are necessary for human survival [80].
This resource was included in our simulations permitting
to consider one of food items consumed by omnivorous.
Due to the isotopic fractionation from diet to consumer
(bone collagen), in following simulations, isotopic values
of hominid diet, mentioned as “mixing diet” or “mix-
ture”, were considered to be lower than isotopic values of
hominid collagens of 0.8–1.3% for carbon and 3–5% for
nitrogen [19, 20, 65, 68]. For each cluster datasets, and
according to the appropriate fractionation factor requires
for running models, isotopic values of plants were estimated
from available herbivorous isotopic values (0.8–1.3% for
carbon and 3–5% for nitrogen) (see Supplementary Material
SI3 available online at doi: 10.4061/2011/689315). Isotopic
values of meat and fish resources of hominid diets were
derived from the literature and summarized in the database
(Table SI1).
For each cluster (global, geographical, and environ-
mental), 3 sets of simulations were performed (one for
each chronological groups: MOIS3 Neanderthals, MOIS3
modern humans, and MOIS2 modern humans). To get
the best inputs for running IsoSource and to have com-
parable patterns for each chronological group, a similar
geometric construction was realised within the estimated
carbon and nitrogen variability of each food source (mean
± SD) (Figure 2). The isotopic variability for herbivorous
δ
15
N
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0
)
δ13C (%0)
δ15N + 1SD
Mean
M
Mean ± 1SD
M =mixture
Figure 2: Geometric constructions used for running simulations
(the example shows the whole dataset; sources are represented by
mean ± 1SD; the values used for running simulations are described
in Table SI3).
source was calculated by averaging the mean of each faunal
type isotopic signature to avoid any bias due to sample
size. Moreover, concerning the whole dataset and the cold
environments dataset, the geometric construction usable for
modelling had to be based on the largest isotopic values of
sources around the mixture. Concerning the South-western
dataset, two sets of simulations have been performed; the first
one involves a geometric construction based on the largest
isotopic values of sources around the mixture (mean± 1SD),
and the second one involves a geometric construction based
on average isotopic values of sources (mean).
2.4. Statistical Analysis. To assess the validity of the diﬀerent
clusters proposed in Section 1, a set of Kruskall-Walis
statistics was applied to the database (Statistica software).
Kruskall-Wallis statistics are nonparametric tests generally
used to compare the distribution of two independent sets of
values. Here the aim is to test (i) if chronological groups are
reliable for investigating the homogeneity of stable isotopic
signatures of each faunal group across the time and (ii)
if all archaeological sites associated in one cluster present
homogeneous stable isotopic ratios over space.
Results of simulations are given by proportions of
sources expressed as percentages. Although in order to
compare, in each hominid group and in each simulation,
the contribution of each source to the mixture, Chi-squared
test with a Bonferroni correction was used. To use the Chi-
squared test, a standardisation of results has been done based
on a calculation of a resource unit related to the quantity of
protein intake.
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3. Results
3.1. Isotopic Variability Analyses. A descriptive statistical
analysis of the complete isotopic dataset was performed to
detect whether isotopic diﬀerences existed (i) between the
archaeological sites of the considered geographic region, (ii)
between the archaeological sites of the considered environ-
ments as well as (iii) between chronological subdivisions
of MOIS3 and MOIS2. Kruskal-Wallis analyses were imple-
mented on the whole dataset, on the South-western dataset,
and on the cold environment dataset to test if chronological
groups are eﬃcient and if all archaeological sites associated
with a chronological group (MOIS3 Neanderthal, MOIS3
modern humans, or MOIS2 modern humans) could be
pooled together in terms of carbon and nitrogen isotopic
ratios. P values lower than 0.01 indicate statistically signifi-
cant diﬀerences suggesting an isotopic heterogeneity within
groups.
(1) Regarding the analysis of the complete dataset (Table
SI4), we often observed a particular dietary/isotopic
behaviour for the reindeer which seems attributed
to local environment. This is why we decided to
perform two sets of simulations, a set including
the reindeer and a set excluding from the reindeer.
Concerning MOIS2 whole dataset, bovids and horse
show isotopic variability across archaeological sites.
We identified and excluded the divergent archaeo-
logical sites for bovids (Gough’s cave and Kendrick’s
cave for bovids). Since divergent archaeological sites
were not identifiable for horse, in order to avoid any
biases, several sets of simulations were conducted
with diﬀerent δ15N values for herbivorous sources
(δ15N ± 1SD; Figure 2).
(2) For the South-western area (Table SI5), reindeer
isotopic variability seems attributed to local environ-
ment whereas bovids’ seems to be heterogeneous dur-
ing MOIS2. To avoid any biases, divergent sites have
been excluded from the simulations (Pont d’Ambon,
[31]). As mentioned above, additional simulations
have also been performed with and without reindeer.
(3) In cold environments (Table SI6), reindeer isotopic
variability seems also attributed to local environ-
ment. Similarly, simulations with and without con-
sideration of the reindeer isotopic variability within
the herbivorous group were conducted.
To summarise, based on the results of Kruskal-Wallis
analyses, simulations were performed according to each clus-
ter and each chronological group under several conditions:
(1) presence of the three faunal types in the herbivorous
source (bovid, reindeer, horse), (2) presence of bovids and
horse, in the herbivorous source, to take into account the
isotopic variability of reindeer across archaeological sites),
(3) presence of bovids and reindeer in the herbivorous
source, to take into account that horses are nonruminant
species [81]. For the environmental cluster only, (4) a fourth
simulation was performed considering only the reindeer in
the herbivorous source since it was probably the main species
consumed under these cold climates [82].
In addition, two sets of simulations were performed to
guaranty the most reliable application of isotopic biochem-
istry in the reconstruction of past diet: (1) one considering
the totality of the hominids for each chronological group and
(2) a second considering only the hominids associated with
fauna. In total, 19 simulations have been performed on the
whole dataset, 28 on the South-western dataset, and 16 on
the cold environment dataset (Table 4).
3.2. Simulation Results. Simulations were implemented us-
ing three food sources selected according to isotopic dataset
relative to each cluster and each chronological group. In all
simulations, source 1 shows fixed values characterised by
high δ15N values and low δ13C values. Source 2 and source
3 isotopic signatures were determined according to isotopic
dataset relative to each cluster and each chronological group.
In all simulations, source 2 shows intermediate δ15N values
and high δ13C values whereas source 3 exhibits low δ13C
and δ15N values. The result of the simulations is driven by
the relative position of the mixture compared to the three
sources.
Regarding the MOIS3 Neanderthals’ dataset (Table 5),
in all clusters and under all conditions, the results of the
diﬀerent simulations show the same patterns. The contribu-
tion of source 1 is the highest (between 48% and 67% of
the mixing food), suggesting a consumption of food with
high δ15N values and low δ13C values. The contribution of
source 3 (between 28% and 44%) is lower than source 1 but
higher than the contribution of source 2 (between 1% and
19%), which confirms the greater consumption of food with
low δ13C signatures. More precisely, simulations without
considering the reindeer isotopic values tend to increase
the contribution of source 2, whereas simulations without
considering the horse isotopic values tend to decrease the
contribution of source 2. In other words, the more the
isotopic value of the herbivorous source is enriched in 13C,
the fewer source 2 contributes to the mixture. In the South-
western area, even if the contribution of source 2 slightly
decreases when simulations are based on average isotopic
values of diﬀerent sources, the diﬀerences between the two
sets of simulations (regarding a large variability versus an
average variability) are not significant.
Concerning the MOIS3 modern humans’ dataset
(Table 6), the results of simulations within the South-
western area exhibit diﬀerent dietary patterns relatively to
the other two clusters (global and environmental). For the
three clusters, the contribution of source 1 is the highest
(between 58% and 72%). In the South-western area, the
contribution of source 2 is higher than the contribution of
source 3 (resp., between 15% and 40% and between 1% and
13%). It is the opposite for the global and environmental
clusters, the contribution of source 3 is higher than the
contribution of source 2 (resp., between 26% and 32%
and between 2% and 15%). These results would suggest
a lesser consumption of 13C enriched food. Regardless of
the faunal types considered in the herbivorous source, the
results globally remain the same for the cold environments
and the complete datasets. Nevertheless, when the reindeers
are absent, the contribution of source 3 is lower than the
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Table 5: Results of simulations by IsoSource for MOIS3 Neanderthals chronological group and under the three clusters; circular diagram
represents the diﬀerent source proportions to the mixture.
Cold
environment
South-western area Whole dataset
variability
(mean ± 1SD)
variability
(mean ± 1SD)
variability
(mean)
variability
(mean ± 1SD)
whole fauna/whole
hominids
1
2
3
1
2
3
1
2
3
1
2
3
whole
fauna/associated
hominids
1
2
3
1
2
3
1
2
3
fauna without
reindeer/whole
hominids
1
2
3
1
2
3
1
2
3
1
2
3
fauna without
reindeer/associated
hominids
1
2
3
1
2
3
1
2
3
1
2
3
fauna without
horse/whole
hominids 1
2
3
1
2
3
1
2
3
fauna without
horse/associated
hominids 1
2
3
1
2
3
1
2
3
reindeer/whole
hominids
1
2
3
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Table 5: Continued.
Cold
environment
South-western area Whole dataset
variability
(mean ± 1SD)
variability
(mean ± 1SD)
variability
(mean)
variability
(mean ± 1SD)
reindeer/associated
hominids
1
2
3
Table 6: Results of simulations by IsoSource for MOIS3 modern humans chronological group and under the three clusters; circular diagram
represents the diﬀerent source proportions to the mixture.
Cold
environment
South-western area Whole dataset
variability
(mean ± 1SD)
variability
(mean ± 1SD)
variability
(mean)
variability
(mean ± 1SD)
whole
fauna/whole
hominids 1
2
3
1
2
3
1
2
3
1
2
3
fauna without
reindeer/whole
hominids 1
2
3
1
2
3
1
2
3
1
2
3
fauna without
horse/whole
hominids 1
2
3
1
2
3
1
2
3
1
2
3
reindeer/whole
hominids
1
2
3
contribution of source 2. It is the opposite when horses are
not considered in the simulations.
In the South-western area, similar dietary patterns
are observed when the reindeers are not considered; the
contribution of source 3 clearly decreases whereas the
contribution of source 2 clearly increases. It is also the
opposite when horses are not considered in simulations.
As suggested for MOIS3 Neanderthals, we can suppose
that the more the isotopic values of herbivorous source
are enriched in 13C, the fewer source 2 contributes to
International Journal of Evolutionary Biology 9
Table 7: Results of simulations by IsoSource for MOIS2 modern humans chronological group and under the three clusters; circular diagram
represents the diﬀerent source proportions to the mixture.
Cold
environment
South-western area Whole dataset
variability
(mean ± 1SD)
variability
(mean ± 1SD)
variability
(mean)
variability
(mean ± 1SD)
whole fauna/whole
hominids
1
2
3
1
2
3
1
2
3
whole
fauna/associated
hominids 1
2
3
1
2
3
1
2
3
fauna without
reindeer/whole
hominids
1
2
3
1
2
3
1
2
3
fauna without
reindeer/associated
hominids
1
2
3
1
2
3
1
2
3
fauna without
horse/whole
hominids 1
2
3
1
2
3
1
2
3
1
2
3
fauna without
horse/associated
hominids 1
2
3
1
2
3
1
2
3
1
2
3
reindeer/whole
hominids
1
2
3
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Table 7: Continued.
Cold
environment
South-western area Whole dataset
variability
(mean ± 1SD)
variability
(mean ± 1SD)
variability
(mean)
variability
(mean ± 1SD)
reindeer/associated
hominids
1
2
3
whole fauna (δ15N +
1SD)/whole hominids
1
2
3
whole fauna (δ15N +
1SD)/associated
hominids
1
2
3
whole fauna (δ15N −
1SD)/whole hominids
1
2
3
whole fauna (δ15N −
1SD)/associated
hominids
1
2
3
the mixture. The divergent results observed for the South-
western area regarding the relative contribution of source 2
and 3 could be explained by a bias induced by the isotopic
value of the mixture representing only by one available
data in the South-western area for this period. Diﬀerences
between the two sets of simulations for the South-western
area are low. The contribution of source 3 slightly decreases
when simulations are based on average isotopic values of
the three sources whereas the contribution of source 2
increases.
Concerning the MOIS2 modern humans dataset
(Table 7), independently of clusters and contrary to the
MOIS3 Neanderthals and modern humans, dietary patterns
show a slight predominance of source 2 (between 20%
and 82%) compared with the other two sources (between
0 and 40% for source 3 and between 30% and 51% for
source 1). Some diﬀerences have been observed according
to faunal types included in the herbivorous source. Overall,
the contribution of source 3 slightly decreases when the
reindeer are excluded and increases when the horse are
excluded. These diﬀerent dietary patterns according to the
inclusion or exclusion of reindeer and horse in herbivorous
source are consistent with the observations made for MOIS3
Neanderthals and MOIS3 modern humans. Regarding the
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Table 8: Chi-squared results, significant values of P (<0.017) are in italic.
N3-MH3 N3-MH2 MH3-MH2
South-western area
Extended variability
Whole fauna
Whole
hominids
0.000038 0.000000 0.000000
Fauna without
reindeer
Whole
hominids
0.000002 0.000000 0.000000
Fauna without
horse
Whole
hominids
0.000007 0.000000 0.000003
Average variability
Whole fauna
Whole
hominids
0.000000 0.000000 0.000382
Fauna without
reindeer
Whole
hominids
0.000000 0.000000 0.000000
Fauna without
horse
Whole
hominids
NA 0.000000 0.000059
Cold environment Extended variability
Whole fauna
Whole
hominids
0.015359 0.000000 0.000000
Fauna without
reindeer
Whole
hominids
0.002858 NA NA
Fauna without
horse
Whole
hominids
NA 0.000000 NA
Reindeer
Whole
hominids
0.031744 0.000000 0.000000
Whole dataset Extended variability
Whole fauna
Whole
hominids
0.102942 0.000000 0.000000
Fauna without
reindeer
Whole
hominids
0.143751 0.000000 0.000000
Fauna without
horse
Whole
hominids
0.026514 0.000000 0.000000
two sets of simulations performed for the South-western
area, the contribution of source 3 decreases in conjunction
with an increase of source 2 when average isotopic values
are considered for sources. An exception is observed when
horses are not included in the herbivorous source. The
contribution of source 2 also increases when the herbivorous
source exhibits high δ13C values.
Chi-squared tests were conducted according to the three
chronological groups. The results of this statistical analysis
emphasize previous observations (Table 8). With the Bon-
ferroni correction and two degrees of freedom, the P values
are considered significant below 0.017. Dietary patterns of
MOIS2 modern humans appear statistically diﬀerent than
the other two chronological groups. Dietary patterns of
MOIS3 modern humans and MOIS3 Neanderthals do not
exhibit significant diﬀerences for global and environmental
clusters. For geographical cluster, as observed on raw results,
simulations show significant diﬀerences in dietary patterns
between MOIS3 modern humans and MOIS3 Neanderthals.
As mentioned before, this could be explained by the unique
nitrogen isotopic value available for MOIS3 South-western
modern humans.
4. Discussion and Conclusions
Our research on past human diet during the transition
from MOIS3 to MOIS2 is based on the modelling of
isotopic signatures of a mixture over time and under several
clusters (global, geographic, or environmental clusters).
Our aim has been to test the hypothesis that resource
competition, analysed through isotopic modelling, may
have existed between Neanderthals and contemporaneous
modern humans. Isotopic analyses, which are generally used
for studying local environments, would also seem to be
applicable to a population approach. Indeed, the results of
our modelling illustrate that, whatever cluster is considered,
the dietary behaviour of each chronological group shows
similar dietary patterns. In order to compensate for the lack
of reliability of certain sets of data, modelling seems to be a
relevant approach.
In agreement with the hypotheses underlying our mod-
els, we were able to compare MOIS3 modern humans with
the two other hominid groups (MOIS3 Neanderthals &
MOIS2 modern humans), even if hominid isotopic values
for MOIS3 modern humans considered in simulations were
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not associated with the faunal isotopic values. Indeed,
results of our modelling show that whatever the conditions
considered (hominids with and without associated fauna),
the dietary behaviour of each chronological group shows
similar patterns.
Concerning the diachronic analysis of past dietary pat-
terns, our study demonstrates the absence of significant
diﬀerences between Neanderthal diet and that of contempo-
raneous modern human and highlights the dietary diﬀerence
among MOIS2 modern human. These conclusions confirm
that resource competition may have occurred during MOIS3
between the two hominid populations living in Europe.
Some authors have already suggested competition between
the two populations by observing a correspondence between
the contraction of the Neanderthal ecological niche and the
expansion of the ecological niche of modern humans [9].
However, radiocarbon dates do not provide any cases of
geological interstratification (shown by Mousterian, Aurig-
nacian, and transitional assemblages), which would support
the contemporaneity of Neanderthals and modern humans
[3]. It has been argued that much of Europe was almost
empty when the modern human expansion occurred [7, 83].
Thus, given the radiocarbon dates, little contact would
occur between the two populations in Europe, except in
the Southwest of France and in the North of Spain, where
encounters may have been more frequent [83]. Therefore,
resource competition would have happened only in these
areas of contact.
The divergence of MOIS2 modern human behaviour in
relation to MOIS3 populations (Neanderthals and modern
humans) may be explained through use by the former
population of alternative food sources, such as, for example,
small fauna. Our results are consistent with the observation
of certain prehistorians, who suggest a relative continuity
in behavior between Neanderthals and contemporaneous
modern humans and a behavioural modification between
Aurignacian and Gravettian modern humans [84, 85].
Most publications on modern human dietary spectra have
underlined that this population had a more diverse diet than
Neanderthals, consuming, beside ungulates, small game prey
like fish or small mammals [19, 20, 24, 86–88]. Due to the
lack of data, stable isotopic signatures of the small prey were
not considered in our simulations, and it is therefore diﬃcult
to reach any conclusions concerning potential modifications
in the consumption of this type of prey. Nevertheless, if small
prey have similar isotopic signatures to those of reindeer,
bovids, and horse used here, our results would explain the
diﬀerence in patterns observed for MOIS2 modern humans
(with a higher contribution of source 2) in comparison
to MOIS3 Neanderthals and MOIS3 modern humans. On
the contrary, the predominance of source 1 in MOIS3
Neanderthals and MOIS3 modern humans could indicate a
consumption of food with high δ15N values and low δ13C
values. Source 1 considered in our simulations was derived
from fish isotopic values, although other species with similar
isotopic value, such as mammoths [19], may have been taken
into account and used instead of fish.
Furthermore, zooarchaeological and genetic studies indi-
cate a decline in the quantity of big game and notably
ungulates, beginning at about 50,000 years BP [89–91].
On the basis of our results, Neanderthals did not change
their diet during MOIS3, as Richards and Trinkaus have
already suggested in 2009 [92]. Prior to the early modern
human expansion, it is possible that Neanderthals, which
had a small population size [93–98], were not aﬀected by
a reduction of the population size of large mammals. By
contrast, during the period of coexistence of Neanderthals
andmodern humans, theMOIS3, we can suppose that faunal
contraction, associated with resource competition, might
have had more serious consequences. Indeed, Neanderthals
were probably close to their carrying capacity due to the
decrease of the ungulate populations [99], as is suggested by
certain stress markers (dental hypoplasia, etc.) [100, 101].
In such conditions, the arrival of species evolving in a
same ecological niche might have led to strong competition
and perhaps contributed to the demise of Neanderthals,
although competition alone cannot account for Neanderthal
extinction. Some authors suggest that early modern humans
would have possessed more varied technical abilities [10,
102–104], were able to adjust their hunting toward a more
varied prey [5], and would have required less food and fewer
foraging returns [105, 106]. All of these factors may have
favoured the modern humans’ survival [10].
In conclusion, our study has adopted the hypothesis that
all the hominids we have considered consumed the same kind
of resources. Provided that this hypothesis does not involve
a major bias, our methodology, based upon modelling, has
permitted us to address the question concerning resource
competition between Neanderthals and modern humans, to
which zooarchaeological approaches, in view of the complex-
ity of faunal assemblages, could not supply a clear answer [5].
Thanks to a substantial isotopic database, this study confirms
the occurrence of resource competition between Neander-
thals and contemporaneous modern humans living in the
same area. It is however not possible to reach a conclusion
concerning the role of competition in Neanderthals’ demise.
Furthermore, this study underlines the dietary changes that
occurred during MOIS2, as proposed by the study of lithic
industry and archaeological data of faunal assemblage. It
also demonstrates that modelling approaches and dietary
assessment are useful for investigating ecological interaction
among both present and past populations. In order to answer
this last question, we are engaged in a study in progress,
which uses complex mathematical models to represent, as
plausibly as possible, the trophic web of Neanderthals and
the interaction between prey, predators, and hominid groups
(Neanderthals and early modern humans).
Acknowledgments
The authors would like to thanks the anonymous reviewers
for the careful reading and suggestions, Terry Brown (Uni-
versity of Manchester), Jocelyn Wiliams (Trent University),
and Stephan Naji for helping in English editing.
References
[1] N. Teyssandier, “Les de´buts de l’Aurignacien en Europe.
Discussion a` partir des sites de Geissenklosterle, Willendorf
International Journal of Evolutionary Biology 13
II, Krems-Hundssteig et Bacho Kiro,” Bulletin de la Socie´te´
Pre´historique Franc¸aise, vol. 102, no. 1, pp. 211–216, 2005.
[2] E. Trinkaus, O. Moldovan, S¸. Milota et al., “An early modern
human from the Pes¸tera cu Oase, Romania,” Proceedings
of the National Academy of Sciences of the United States of
America, vol. 100, no. 20, pp. 11231–11236, 2003.
[3] O. Jo¨ris and M. Street, “At the end of the 14C time scale—
the Middle to Upper Paleolithic record of western Eurasia,”
Journal of Human Evolution, vol. 55, no. 5, pp. 782–802, 2008.
[4] B. Hockett and J. A. Haws, “Nutritional ecology and the
human demography of Neandertal extinction,” Quaternary
International, vol. 137, no. 1, pp. 21–34, 2005.
[5] J. R. Stewart, “Neanderthal-modern human competition? A
comparison between the mammals associated with Middle
and Upper Palaeolithic industries in Europe during OIS 3,”
International Journal of Osteoarchaeology, vol. 14, no. 3-4, pp.
178–189, 2004.
[6] J. J. Shea, “The Middle Paleolithic of the East Mediterranean
Levant,” Journal of World Prehistory, vol. 17, no. 4, pp. 313–
394, 2003.
[7] P. B. Pettitt, “Disappearing from the world: an archaeological
perspective on neanderthal extinction,” Oxford Journal of
Archaeology, vol. 18, no. 3, pp. 217–240, 1999.
[8] J. C. Flores, “A mathematical model for Neanderthal extinc-
tion,” Journal of Theoretical Biology, vol. 191, no. 3, pp. 295–
298, 1998.
[9] W. E. Banks, F. d’Errico, A. T. Peterson, M. Kageyama, A.
Sima, and M. F. Sa´nchez-Gon˜i, “Neanderthal extinction by
competitive exclusion,” PLoS ONE, vol. 3, no. 12, Article ID
e3972, 2008.
[10] J. F. O’Connell, “How did modern humans displace nean-
derthals? Insights from hunter-gatherer ethnography and
archaeology,” in Neanderthals and Modern Humans Meet? N.
Conard, Ed., Kerns, Tu¨bingen, Germany, 2006.
[11] S. H. Ambrose, “Stable carbon and nitrogen isotope analysis
of human and animal diet in Africa,” Journal of Human
Evolution, vol. 15, no. 8, pp. 707–731, 1986.
[12] B. S. Chisholm, D. E. Nelson, and H. P. Schwarcz, “Stable-
carbon isotope ratios as ameasure ofmarine versus terrestrial
protein in ancient diets,” Science, vol. 216, no. 4550, pp. 1131–
1132, 1982.
[13] M. Silvana, T. Borgognini, and R. Elena, “Dietary patterns in
the mesolithic samples from Uzzo and Molara caves (Sicily):
the evidence of teeth,” Journal of Human Evolution, vol. 14,
no. 3, pp. 241–254, 1985.
[14] H. Tauber, “13C evidence for dietary habits of prehistoric
man in Denmark,” Nature, vol. 292, no. 5821, pp. 332–333,
1981.
[15] M. Schoeninger, Changes in human subsistence activities from
the middle Palaeolithic to the Neolithic in the Middle Est, Ph.D.
thesis, University of Michigan, Ann Arbor, Mich, USA, 1980.
[16] M. P. Richards, P. B. Pettitt, M. C. Stiner, and E. Trinkaus,
“Stable isotope evidence for increasing dietary breadth in the
Europeanmid-Upper Paleolithic,” Proceedings of the National
Academy of Sciences of the United States of America, vol. 98,
no. 11, pp. 6528–6532, 2001.
[17] M. P. Richards, R. E. M. Hedges, R. Jacobi, A. Current, and C.
Stringer, “FOCUS: Gough’s Cave and Sun Hole Cave human
stable isotope values indicate a high animal protein diet in the
British Upper Palaeolithic,” Journal of Archaeological Science,
vol. 27, no. 1, pp. 1–3, 2000.
[18] H. Bocherens, D. Billiou, A. Mariotti et al., “New isotopic
evidence for dietary habits of Neandertals from Belgium,”
Journal of Human Evolution, vol. 40, no. 6, pp. 497–505,
2001.
[19] H. Bocherens, D. G. Drucker, D. Billiou, M. Patou-Mathis,
and B. Vandermeersch, “Isotopic evidence for diet and
subsistence pattern of the Saint-Ce´saire I Neanderthal: review
and use of a multi-source mixing model,” Journal of Human
Evolution, vol. 49, no. 1, pp. 71–87, 2005.
[20] H. Bocherens and D. Drucker, “Trophic level isotopic enrich-
ment of carbon and nitrogen in bone collagen: case studies
from recent and ancient terrestrial ecosystems,” International
Journal of Osteoarchaeology, vol. 13, no. 1-2, pp. 46–53, 2003.
[21] M. P. Richards, P. B. Pettitt, E. Trinkaus, F. H. Smith, M.
Paunovic´, and I. Karavanic´, “Neanderthal diet at Vindija and
Neanderthal predation: the evidence from stable isotopes,”
Proceedings of the National Academy of Sciences of the United
States of America, vol. 97, no. 13, pp. 7663–7666, 2000.
[22] M. P. Richards, R. Jacobi, J. Cook, P. B. Pettitt, and C. B.
Stringer, “Isotope evidence for the intensive use of marine
foods by Late Upper Palaeolithic humans,” Journal of Human
Evolution, vol. 49, no. 3, pp. 390–394, 2005.
[23] J. Pearson, “Hunters, fishers and scavengers: a review of the
isotope evidence for Neanderthal diet,” Before Farming, vol.
2, no. 2, pp. 1–16, 2007.
[24] H. Bocherens, D. Billiou, A. Mariotti et al., “Palaeoenvi-
ronmental and palaeodietary implications of isotopic bio-
geochemistry of last interglacial neanderthal and mammal
bones in Scladina Cave (Belgium),” Journal of Archaeological
Science, vol. 26, no. 6, pp. 599–607, 1999.
[25] M. Patou-Mathis, “Neanderthal subsistence behaviours in
Europe,” International Journal of Osteoarchaeology, vol. 10,
no. 5, pp. 379–395, 2000.
[26] S. Gaudzinski and W. Roebroeks, “Adults only. Reindeer
hunting at the Middle Palaeolithic site Salzgitter Lebenstedt,
northern Germany,” Journal of Human Evolution, vol. 38, no.
4, pp. 497–521, 2000.
[27] P. Valensi and E. Psathi, “Faunal exploitation during the
Middle Palaeolithic in South-eastern France and North-
western Italy,” International Journal of Osteoarchaeology, vol.
14, no. 3-4, pp. 256–272, 2004.
[28] D. K. Grayson and F. Delpech, “Changing diet breadth in the
early Upper Palaeolithic of southwestern France,” Journal of
Archaeological Science, vol. 25, no. 11, pp. 1119–1129, 1998.
[29] F. Delpech, “L’environnement animal des europe´ens au
Pale´olithique supe´rieur,” L’Europe Pre´historique, Editions du
CTHS, Paris, pp. 271–289, 2003.
[30] D. K. Grayson and F. Delpech, “Ungulates and the Middle-
to-Upper Paleolithic transition at Grotte XVI (Dordogne,
France),” Journal of Archaeological Science, vol. 30, no. 12, pp.
1633–1648, 2003.
[31] D. Drucker, “Validation me´thodologique de l’analyse iso-
topique d’ossements fossiles et apports aux reconstitutions
paleoecologiques du Pale´olithique supe´rieur du Sud-Ouest,”
2001.
[32] D. Drucker and H. Bocherens, “Carbon and nitrogen stable
istopes as tracers of change in diet breadth during Middle
and Upper Palaeolithic in Europe,” International Journal of
Osteoarchaeology, vol. 14, no. 3-4, pp. 162–177, 2004.
[33] D. G. Drucker and D. Henry-Gambier, “Determination of
the dietary habits of a Magdalenian woman from Saint-
Germain-la-Rivie`re in southwestern France using stable
isotopes,” Journal of Human Evolution, vol. 49, no. 1, pp. 19–
35, 2005.
[34] B. Hayden, B. Chisholm, and H. Schwarcz, “Fishing and
Foraging Marine Ressources in the Upper Paleolithic of
14 International Journal of Evolutionary Biology
France,” in The Pleistocene Old World: Regional Perspectivess,
O. Soﬀer, Ed., pp. 279–291, Plenum, New York, NY, USA,
1987.
[35] M. P. Richards, G. Taylor, T. Steele et al., “Isotopic dietary
analysis of a Neanderthal and associated fauna from the site
of Jonzac (Charente-Maritime), France,” Journal of Human
Evolution, vol. 55, no. 1, pp. 179–185, 2008.
[36] M. Fizet, Bioge´ochimie isotopique (13C et 15N) du collage`ne
des verte´bre´s : contribution a` l’e´tude du paleoe´cosyste´me
anthropique du Ple´istoce`ne supe´rieur (Marillac Charente),
The`se de Doctorat, Universite´ Paris IV, Paris, France, 1992.
[37] M. Fizet, A. Mariotti, H. Bocherens et al., “Eﬀect of diet,
physiology and climate on carbon and nitrogen stable iso-
topes of collagen in a late pleistocene anthropic palaeoecosys-
tem: marillac, Charente, France,” Journal of Archaeological
Science, vol. 22, no. 1, pp. 67–79, 1995.
[38] H. Bocherens, M. L. Fogel, N. Tuross, andM. Zeder, “Trophic
structure and climatic information from isotopic signatures
in pleistocene cave fauna of Southern England,” Journal of
Archaeological Science, vol. 22, no. 2, pp. 327–340, 1995.
[39] D. Drucker, H. Bocherens, J. J. Cleyet-Merle, S. Madelaine,
and A. Mariotti, “Implication pale´oenvironnementales de
l’e´tude isotopique (13C et 15N) de la faune des grands
mammife`res des Jamblancs (Dordogne, France),” Pale´o, vol.
12, pp. 29–53, 2000.
[40] S. H. Ambrose, “ Prospect for stable isotopic analtsis of
later Peisotcene hominid diets in west Asia and Europe,”
in Neandertals and Modern Humans in Western Asia, T.
Akazawa, K. Aoki, and O. Bar-Yosef, Eds., pp. 277–294,
Kluwer Academic Publishers , New York, NY, USA, 1998.
[41] H. Bocherens, “Isotopic biogeochemistry as a marker of
Neandertal diet,” Anthropologischer Anzeiger, vol. 55, no. 2,
pp. 101–120, 1997.
[42] H. Bocherens, M. Fizet, A. Mariotti et al., “Isotopic biogeo-
chemistry (13C, 15N) of fossil vertebrate collagen: applica-
tion to the study of a past food web including Neandertal
man,” Journal of Human Evolution, vol. 20, no. 6, pp. 481–
492, 1991.
[43] H. Bocherens, M. Fizet, and A. Mariotti, “Diet, physiology
and ecology of fossil mammals as inferred from stable
carbon and nitrogen isotope biogeochemistry: implications
for Pleistocene bears,” Palaeogeography, Palaeoclimatology,
Palaeoecology, vol. 107, no. 3-4, pp. 213–225, 1994.
[44] R. E. Stevens and R. E. M. Hedges, “Carbon and nitrogen
stable isotope analysis of northwest European horse bone and
tooth collagen, 40,000 BP-present: palaeoclimatic interpreta-
tions,” Quaternary Science Reviews, vol. 23, no. 7-8, pp. 977–
991, 2004.
[45] M. P. Richards, R. Jacobi, J. Cook, P. B. Pettitt, and C. B.
Stringer, “Isotope evidence for the intensive use of marine
foods by Late Upper Palaeolithic humans,” Journal of Human
Evolution, vol. 49, no. 3, pp. 390–394, 2005.
[46] O. E. Craig, M. Biazzo, A. C. Colonese et al., “Stable
isotope analysis of Late Upper Palaeolithic human and faunal
remains from Grotta del Romito (Cosenza), Italy,” Journal of
Archaeological Science, vol. 37, no. 10, pp. 2504–2512, 2010.
[47] R. W. Schmitz, D. Serre, G. Bonani et al., “The Neandertal
type site revisited: interdisciplinary investigations of skeletal
remains from the Neander Valley, Germany,” Proceedings
of the National Academy of Sciences of the United States of
America, vol. 99, no. 20, pp. 13342–13347, 2002.
[48] M. P. Richards and R. W. Schmitz, “Isotope evidence for the
diet of the Neanderthal type specimen,”Antiquity, vol. 82, no.
317, pp. 553–559, 2008.
[49] C. Beauval, B. Maureille, F. Lacrampe-Cuyaube`re et al.,
“A late Neandertal femur from Les Rochers-de-Villeneuve,
France,” Proceedings of the National Academy of Sciences of
the United States of America, vol. 102, no. 20, pp. 7085–7090,
2005.
[50] T. Higham, C. B. Ramsey, I. Karavanic´, F. H. Smith, and
E. Trinkaus, “Revised direct radiocarbon dating of the
Vindija G1 Upper Paleolithic Neandertals,” Proceedings of the
National Academy of Sciences of the United States of America,
vol. 103, no. 3, pp. 553–557, 2006.
[51] V. Formicola, P. B. Pettitt, and A. Del Lucchese, “A direct AMS
radiocarbon date on the Barma Grande 6 upper paleolithic
skeleton,” Current Anthropology, vol. 45, no. 1, pp. 114–117,
2004.
[52] P. B. Pettitt, M. Richards, R. Maggi, and V. Formicola, “The
Gravettian burial known as the Prince (“II Principe”): new
evidence for his age and diet,” Antiquity, vol. 77, no. 295, pp.
15–19, 2003.
[53] E. Garcia-Guixe´, J. Martı´nez-Moreno, R. Mora, M. Nu´n˜ez,
and M. P. Richards, “Stable isotope analysis of human and
animal remains from the Late Upper Palaeolithic site of
Balma Guilanya`, southeastern Pre-Pyrenees, Spain,” Journal
of Archaeological Science, vol. 36, no. 4, pp. 1018–1026, 2009.
[54] R. J. Schulting, E. Trinkaus, T. Higham, R. Hedges, M.
Richards, and B. Cardy, “A Mid-Upper Palaeolithic human
humerus from Eel Point, South Wales, UK,” Journal of
Human Evolution, vol. 48, no. 5, pp. 493–505, 2005.
[55] J. Orschiedt, “Datation d’un vestige humain provenant de la
Rochette (Saint Le´on-sur-Ve´ze`re, Dordogne) par la me´thode
du carbone 14 en spectrome´trie de masse,” Pale´o, no. 14, pp.
239–240, 2002.
[56] R. M. Jacobi and T. F. G. Higham, “The “Red Lady” ages
gracefully: new ultrafiltration AMS determinations from
Paviland,” Journal of Human Evolution, vol. 55, no. 5, pp.
898–907, 2008.
[57] P. Francalacci, “Dietary reconstruction at Arene Candide
Cave (Liguria, Italy) by means of trace element analysis,”
Journal of Archaeological Science, vol. 16, no. 2, pp. 109–124,
1989.
[58] E. Trinkaus, A. Soficaru, A. Dobos¸, S. Constantin, J. Zilha˜o,
and M. Richards, “Stable isotope evidence for early modern
human diet in southeastern Europe: Pes¸tera cu Oase, Pes¸tera
Muierii and Pes¸tera Cioclovina Uscata˘,”Materiale S¸i Cercetari
Arheologice, pp. 5–14, 2009.
[59] E. Wild, M. Teschler-Nicola, W. Kutschera, P. Steier, and W.
Wanek, “14 C dating of early upper palaeolithic human and
faunal remains fromMladecˇ,” in Early Modern Humans at the
Moravian Gate, pp. 149–158, 2006.
[60] A. Soficaru, A. Dobos¸, and E. Trinkaus, “Early modern
humans from the Pes¸tera Muierii, Baia de Fier, Romania,”
Proceedings of the National Academy of Sciences of the United
States of America, vol. 103, no. 46, pp. 17196–17201, 2006.
[61] E. Trinkaus, O. Moldovan, S¸. Milota et al., “An early modern
human from the Pes¸tera cu Oase, Romania,” Proceedings
of the National Academy of Sciences of the United States of
America, vol. 100, no. 20, pp. 11231–11236, 2003.
[62] J. R. M. Allen and B. Huntley, “Weichselian palynological
records from southern Europe: correlation and chronology,”
Quaternary International, vol. 73-74, pp. 111–125, 2000.
[63] S. H. Ambrose, “Isotopic analysis of paleodiets: method-
ological and interpretative considerations,” in Investigation
of Ancient Human Tissue Chemical Analyse in Anthropology,
M. K. Sandford, Ed., pp. 59–130, Gordon and Breach Science
Publishers, Langhorne, Pa, USA, 1993.
International Journal of Evolutionary Biology 15
[64] R. E. M. Hedges, J. G. Clement, C. D. L. Thomas, and
T. C. O’Connell, “Collagen turnover in the adult femoral
mid-shaft: modeled from anthropogenic radiocarbon tracer
measurements,” American Journal of Physical Anthropology,
vol. 133, no. 2, pp. 808–816, 2007.
[65] M. J. DeNiro and S. Epstein, “Influence of diet on the
distribution of carbon isotopes in animals,” Geochimica et
Cosmochimica Acta, vol. 42, no. 5, pp. 495–506, 1978.
[66] R. TrPark, “ Carbon isotope fractionation during photosyn-
thesis,”Geochimica et Cosmochimica Acta, vol. 21, no. 1-2, pp.
110–126, 1960.
[67] M. J. Schoeninger and M. DeNiro, “Stable nitrogen isotope
ratios of bone collagen reflect marine and terrestrial compo-
nents of prehistoric human diet,” Science, vol. 220, no. 4604,
pp. 1381–1383, 1983.
[68] M. Minagawa and E. Wada, “Stepwise enrichment of 15N
along food chains: further evidence and the relation between
δ15N and animal age,”Geochimica et Cosmochimica Acta, vol.
48, no. 5, pp. 1135–1140, 1984.
[69] D. L. Phillips, S. D. Newsome, and J. W. Gregg, “Combining
sources in stable isotope mixing models: alternative meth-
ods,” Oecologia, vol. 144, no. 4, pp. 520–527, 2005.
[70] D. L. Phillips and J. W. Gregg, “Uncertainty in source
partitioning using stable isotopes,” Oecologia, vol. 127, no. 2,
pp. 171–179, 2001.
[71] D. L. Phillips and P. L. Koch, “Incorporating concentration
dependence in stable isotope mixing models,” Oecologia, vol.
130, no. 1, pp. 114–125, 2002.
[72] N. B. Athfield, R. C. Green, J. Craig, B. McFadgen, and S.
Bickler, “Infuence of marine sources on 14C ages: isotopic
data from Watom Island, Papua New Guinea inhumations
and pig teeth in light of new dietary standards,” Journal of the
Royal Society of New Zealand, vol. 38, no. 1, pp. 1–23, 2008.
[73] F. Leach, C. Quinn, J. Morrison, and G. Lyon, “The use
of multiple isotope signatures in reconstructing prehistoric
human diet from archaeologial bone,” The New Zealand
Journal of Archaeology, vol. 23, pp. 31–98, 2003.
[74] N. Ogrinc and M. Budja, “Paleodietary reconstruction of a
Neolithic population in Slovenia: a stable isotope approach,”
Chemical Geology, vol. 218, no. 1-2, pp. 103–116, 2005.
[75] F. Valentin, E. Herrscher, F. Petchey, D. J. Addison, T. S.
Asaua, and C. Sand, “An analysis of the last 1000 years human
diet on Tutuila (American Samoa) using carbon and nitrogen
stable isotope data,” American Antiquity, vol. 76, no. 3, 2011.
[76] F. Petchey and R. Green, “Use of three isotopes to calibrate
human bone radiocarbon determinations from Kainapirina
(SAC), Watom Island, Papua New Guinea,” Radiocarbon, vol.
47, no. 2, pp. 181–192, 2005.
[77] H. Bocherens, M. Mashkour, D. G. Drucker, I. Moussa,
and D. Billiou, “Stable isotope evidence for palaeodiets in
southern Turkmenistan during Historical period and Iron
Age,” Journal of Archaeological Science, vol. 33, no. 2, pp. 253–
264, 2006.
[78] S. D. Newsome, D. L. Phillips, B. J. Culleton, T. P. Guilderson,
and P. L. Koch, “Dietary reconstruction of an early to middle
Holocene human population from the central California
coast: insights from advanced stable isotope mixing models,”
Journal of Archaeological Science, vol. 31, no. 8, pp. 1101–
1115, 2004.
[79] D. L. Phillips and J. W. Gregg, “Source partitioning using
stable isotopes: coping with too many sources,” Oecologia,
vol. 136, no. 2, pp. 261–269, 2003.
[80] B. L. Hardy, “Climatic variability and plant food distribution
in Pleistocene Europe: implications for Neanderthal diet and
subsistence,”Quaternary Science Reviews, vol. 29, no. 5-6, pp.
662–679, 2010.
[81] G. S. Stewart and C. P. Smith, “Urea nitrogen salvage mecha-
nisms and their relevance to ruminants, non-ruminants and
man,” Nutrition Research Reviews, vol. 18, no. 1, pp. 49–62,
2005.
[82] P. A. Mellars, “Reindeer specialization in the early Upper
Palaeolithic: the evidence from south west France,” Journal
of Archaeological Science, vol. 31, no. 5, pp. 613–617, 2004.
[83] O. Jo¨ris, E. A´. Ferna´ndez, and B. Weninger, “Radiocarbon
evidence of the Middle to Upper Palaeolithic transition in
Southwestern Europe,” Trabajos de Prehistoria, vol. 60, no. 2,
pp. 15–38, 2003.
[84] A. M. Ronchitelli, P. Boscato, and P. Gambassini, “Gli Ultimi
Neandertaliani in Italia,” in La Lunga Storia di Neandertal:
Biologia e Comportamento, F. Facchini andM. Belcastro, Eds.,
pp. 257–288, Jaca Book, Milan, Italy, 2009.
[85] P. Boscato and J. Crezzini, “The exploitation of ungu-
late bones in Homo neanderthalensis and Homo sapiens,”
Human Evolution, vol. 21, no. 3-4, pp. 311–320, 2007.
[86] C. Finlayson, Neanderthals and Modern Humans, Cambridge
University Press, Cambridge, UK, 2004.
[87] M. C. Stiner, “Thirty years on the “Broad Spectrum Rev-
olution” and paleolithic demography,” Proceedings of the
National Academy of Sciences of the United States of America,
vol. 98, no. 13, pp. 6993–6996, 2001.
[88] M. C. Stiner and N. D. Munro, “Approaches to prehistoric
diet breadth, demography, and prey ranking systems in time
and space,” Journal of Archaeological Method and Theory, vol.
9, no. 2, pp. 181–214, 2002.
[89] E. Morin, “Evidence for declines in human population
densities during the early Upper Paleolithic in western
Europe,” Proceedings of the National Academy of Sciences of
the United States of America, vol. 105, no. 1, pp. 48–53, 2008.
[90] B. Shapiro, A. J. Drummond, A. Rambaut et al., “Rise and fall
of the Beringian steppe bison,” Science, vol. 306, no. 5701, pp.
1561–1565, 2004.
[91] M. Stiller, G. Baryshnikov, H. Bocherens et al., “Withering
away-25,000 years of genetic decline preceded cave bear
extinction,” Molecular Biology and Evolution, vol. 27, no. 5,
pp. 975–978, 2010.
[92] M. P. Richards and E. Trinkaus, “Isotopic evidence for the
diets of European Neanderthals and early modern humans,”
Proceedings of the National Academy of Sciences of the United
States of America, vol. 106, no. 38, pp. 16034–16039, 2009.
[93] C. Lalueza-Fox, M. L. Sampietro, D. Caramelli et al.,
“Neandertal evolutionary genetics: mitochondrial DNA data
from the Iberian Peninsula,”Molecular Biology and Evolution,
vol. 22, no. 4, pp. 1077–1081, 2005.
[94] J. P. Noonan, G. Coop, S. Kudaravalli et al., “Sequencing and
analysis of Neanderthal genomic DNA,” Science, vol. 314, no.
5802, pp. 1113–1118, 2006.
[95] A. W. Briggs, J. M. Good, R. E. Green et al., “Targeted
retrieval and analysis of five neandertal mtDNA genomes,”
Science, vol. 325, no. 5938, pp. 318–321, 2009.
[96] B. Winterhalder, W. Baillargeon, F. Cappelletto, I. R. Daniel
Jr., and C. Prescott, “The population ecology of hunter-
gatherers and their prey,” Journal of Anthropological Archae-
ology, vol. 7, no. 4, pp. 289–328, 1988.
[97] M. Currat and L. Excoﬃer, “Modern humans did not
admix with Neanderthals during their range expansion into
Europe,” PLoS Biology, vol. 2, no. 12, article e421, 2004.
16 International Journal of Evolutionary Biology
[98] A. Burke, “Neanderthal settlement patterns in Crimea: a
landscape approach,” Journal of Anthropological Archaeology,
vol. 25, no. 4, pp. 510–523, 2006.
[99] B. W. Brook and D. M. J. S. Bowman, “Explaining the
Pleistocene megafaunal extinctions: models, chronologies,
and assumptions,” Proceedings of the National Academy of
Sciences of the United States of America, vol. 99, no. 23, pp.
14624–14627, 2002.
[100] M. D. Ogilvie, B. K. Curran, and E. Trinkaus, “Incidence
and patterning of dental enamel hypoplasia among the
Neandertals,” American Journal of Physical Anthropology, vol.
79, no. 1, pp. 25–41, 1989.
[101] D. Guatelli-Steinberg, C. S. Larsen, and D. L. Hutchinson,
“Prevalence and the duration of linear enamel hypoplasia: a
comparative study of Neandertals and Inuit foragers,” Journal
of Human Evolution, vol. 47, no. 1-2, pp. 65–84, 2004.
[102] P. Mellars, “A new radiocarbon revolution and the dispersal
of modern humans in Eurasia,” Nature, vol. 439, no. 7079,
pp. 931–935, 2006.
[103] R. G. Klein, The Human Career: Human Biological and
Cultural Origins, University Of Chicago Press, Chicago, Ill,
USA, 1999.
[104] S. H. Ambrose, “Paleolithic technology and human evolu-
tion,” Science, vol. 291, no. 5509, pp. 1748–1753, 2001.
[105] L. C. Aiello and R. I. M. Dunbar, “Neocortex size, group size,
and the evolution of language,”Current Anthropology, vol. 34,
no. 2, p. 184, 1993.
[106] M. V. Sorensen and W. R. Leonard, “Neandertal energetics
and foraging eﬃciency,” Journal of Human Evolution, vol. 40,
no. 6, pp. 483–495, 2001.
Submit your manuscripts at
http://www.hindawi.com
Hindawi Publishing Corporation
http://www.hindawi.com Volume 2014
 Anatomy 
Research International
Peptides
International Journal of
Hindawi Publishing Corporation
http://www.hindawi.com Volume 2014
Hindawi Publishing Corporation 
http://www.hindawi.com
 International Journal of
Volume 2014
Zoology
Hindawi Publishing Corporation
http://www.hindawi.com Volume 2014
Molecular Biology 
International 
Genomics
International Journal of
Hindawi Publishing Corporation
http://www.hindawi.com Volume 2014
The Scientific 
World Journal
Hindawi Publishing Corporation 
http://www.hindawi.com Volume 2014
Hindawi Publishing Corporation
http://www.hindawi.com Volume 2014
Bioinformatics
Advances in
Marine Biology
Journal of
Hindawi Publishing Corporation
http://www.hindawi.com Volume 2014
Hindawi Publishing Corporation
http://www.hindawi.com Volume 2014
Signal Transduction
Journal of
Hindawi Publishing Corporation
http://www.hindawi.com Volume 2014
BioMed 
Research International
Evolutionary Biology
International Journal of
Hindawi Publishing Corporation
http://www.hindawi.com Volume 2014
Hindawi Publishing Corporation
http://www.hindawi.com Volume 2014
Biochemistry 
Research International
Archaea
Hindawi Publishing Corporation
http://www.hindawi.com Volume 2014
Hindawi Publishing Corporation
http://www.hindawi.com Volume 2014
Genetics 
Research International
Hindawi Publishing Corporation
http://www.hindawi.com Volume 2014
Advances in
Virolog y
Hindawi Publishing Corporation
http://www.hindawi.com
Nucleic Acids
Journal of
Volume 2014
Stem Cells
International
Hindawi Publishing Corporation
http://www.hindawi.com Volume 2014
Hindawi Publishing Corporation
http://www.hindawi.com Volume 2014
Enzyme 
Research
Hindawi Publishing Corporation
http://www.hindawi.com Volume 2014
International Journal of
Microbiology
